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BaxupiM THIIOM MOpP(hOTeHETHIECKOH NeopMaliy SBISIETCS WHBATHHAIIMS 3MHUTEIHAIbHBIX IJIACTOB,
OOHMM M3 Haubojee MPOCTBIX M XOPOIIO H3YYCHHBIX INPHUMEPOB KOTOPOW SBISETCA IEpPBUIHAS
WHBarMHaIys NMPU TacTPyIALUN y MOpcKoro exa. HecMoTps Ha 3Ha4uuTEeNbHBIM 00beM HaOIIOIEHUH,
KOHKPETHbIE MEXaHH3MBbl WHBAarmHAaIlMM OCTAlOTCA HEACHBIMH. B pabore paccmoTpeHa 3agada o
IJIOCKOHAMPSKEHHOM /1e(OPMUPOBAaHUU IIEPBOHAYAIBHO KPYroBOTO IUIACTAa, BHYTPH KOTOPOIO MOJ-
JIepKUBaeTcd NMOCTOSIHHOE JaBieHHe. [lelicTBUe pa3BUBAaeMbIX KJIETKAMU AKTHUBHBIX YCHUIUN Xapak-
TepU3yeTcss aKTUBHBIM MOMEHTOM. Peonorus ciosi ommchIBaeTcss ypaBHEHHEM BS3KOYIPYIOCTH Mak-
CBEJUIOBCKOTO THUIA, KOTOPOE CBA3BIBACT MAaCCUBHBIN HM3TMOAIOMMUI MOMEHT ¢ KpUBH3HOW cios. [Ipu
9TOM YYHMTBIBA€TCAd HaJIU4YUE NOPOTOBOr0 3HAYEHHUS NMACCUBHOIO MOMEHTA, A0 AOCTHXKEHUS KOTOPOTO
UMEEeT MECTO TOJIbKO YNPYIMid W3rn0. AKTHBHBIH MOMEHT 3aJaercss Kak (yHKIUS KOOPAWHAT W
BPEMEHH, OTJINYHAS OT HyJII B HEKOTOPOIl orpaHndeHHO obsactu. [Ipennonaraercs ero NocTeneHHoe
HapacTaHMe, 32 KOTOPBIM CleAyeT CTallMOHAapHOE COCTOSHME, a 3aTeM IOCTeneHHBIH cmana. Paccmort-
PEHBI KaK 3HAaKOIOCTOSIHHOE IIPOCTPAaHCTBEHHOE paclpeneleHne akKTHBHOTO MOMEHTa, TaK W 3HAKO-
nepeMeHHoe. Pe3ynbTaThl YHCIEHHOTO PEMIeHUs MMOKa3alid, YTO M3 BCEX PACCMOTPEHHBIX BapHaHTOB
npaBronoAo0OHass KapTUHA HM3MEHEeHHs (OpPM MOXET OBITh IOJY4YeHa TOJIBKO IIPH BS3KOYNPYTOM
MOBEACHNH CJI0S1 ¢ KOHEYHBIM ITOPOTOM IaCCHBHOTO M3THOAIONIET0 MOMEHTAa M MPH 3HAKONIEPEMEHHOM
pacnpesieieHud CTallMOHAPHOTO aKTHUBHOTO MOMEHTa. AKTHUBHBIH MOMEHT HMMEET pa3HbId 3HaK BO
BHYTPEHHEH M mnepudepuiiHONW 30HaX AKTUBHOW 00JacTH: BO BHYTPEHHEH OH CTPEMHUTCS M3O0THYTHh
IJIaCT BOBHYTPb, BO BHEIIHEH — BOBHE. IIpoBeleHHOE HCCIENOBAaHNE IO3BOJISIET CAETIATh BBIBOIBI O
XapakTepe MaKpOCKONMYECKON OpraHM3allid MHBATMHALIMOHHOTO Ipoliecca W ONpeAeNUTh Halpas-
JICHWE WCCIENOBAHUI C IENbI0 BBISCHEHHUS KJIETOYHBIX MEXaHHW3MOB, CHOCOOHBIX CO3/1aTh COOTBET-
CTBYIOIIME YCUIHS.

Knrouesvle cnosa: mamemamuueckoe MO()EJZMPO@(IHME, MOpd)OZEHeS’, KJleno4YHble cucmemsl, aKnueHvle

cpeobl, IMOPUOHANLHBIUL NUMEnU.

OMOpHOHATbHOE pa3BUTHE >KMUBOTHBIX HEpas-
PBIBHO CBSI3aHO C MPHUCYTCTBHEM B TKaHSIX 3aKO-
HOMEPHO paclpeaeliecHHbIX W CTaguo-Crenupud-
HBIX MEXaHW4YeCKMX HampskeHui [l]. B snurenu-
albHBIX MOp¢oreHe3ax KJIETOYHBIE IIJIACTBI IIpe-
TEpIEBAIOT KaK B HOPME, TaK W IPH MaTOJOTHIX
CYIIECTBEHHBIE TEOMETPUUYCCKUE HM3MEHEHUs, KOH-
TPOJUPYEMBIE CIOXKHBIM B3aMMOICHCTBUEM HaTIPSI-
KEHHO-Ie(OPMUPOBAHHOTO COCTOSHUS TKaHEH u
AKTUBHBIX KJETOYHBIX peaknuii. Habmromgarorcs
pacTsDKeHUs, CKaTHsl, U3MEHEHHS TOJIIUHBI U JIO-
KaJIbHbIe M3TUOBI, KOTOPBIE B Pa3IMIHBIX COYETa-
HHSIX COCTAaBJISIOT KOHKPETHBIE MOpQOTeHEeTHYe-
CKHE IBWKEHUs, JIeKalne B OCHOBe (GopmoobOpa-
30BaHUS KaK OTHENbHBIX OpPraHOB, TaK M BCEro
opranusma [2].

Mexaan3mbl  MopdoreHernaeckux nepopma-
IIAHA OCTAlOTCS BO MHOTOM HEICHBIMH. boiee Toro,
B OCHOBHOM HEHM3BECTHAa HPOCTPAHCTBEHHO-BpeE-
MEHHasl OpraHu3alus YCUJIWH, NPUBOJALIMX K Ha-
OMroaeMbIM U3MEHEHUSM. MaTeMaTH4ecKoe Mo-
JIETUPOBAaHUE JaeT BO3MOKHOCTh 3QPEKTUBHO Tec-
THUPOBATh Pa3JUYHBIC TUMOTE3Bl U OIICHUBATH CTe-
MIeHb MX MPaBIOTION00MS.

WuBaruHanus (BOSYMBaHHE) IIacta — MOPQo-
TeHEeTUYeCKH BAXKHBIA THN ero nehopmanuu, B
YaCTHOCTH, BCErja HUMEHIIHUN MECTO IpHU racrpy-
nsauuu. OnuH U3 Hauboliee W3YyYEHHBIX M T'€OMET-
PUYECKH MPOCTHIX MPUMEPOB MHBArWHALIMU — BIIS-
YUBAaHUE CTEHKH OJIaCTYJbl MOPCKOTO €Xa Ipu
racTpynsiuuu [2-6], ¢ KOTOpsIM M OyayT comoc-
TaBJISITHCSA Jaliee pPe3yAbTaThl MaTEMaTHUECKOTO
MOJEIUPOBAHUS.
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B sToM cnydae mo WHBaruHaIuu, 3HAMEHYIO-
el Havayo racTpyiamuy, 6mactyna umeer Gopmy,
OMM3KYyI0 K cepudeckoif, m 0Opa3zoBaHa AIUTEIHU-
QJIBHBIM CJIOEM TOJIIIMHOW B OJIHY KJIETKY, OKPY-
KAIOIUM 3aIM0JTHEHHYIO KUJKOCThIO OJIOCTH (OJ1a-
cronens). CHaApyX U KIETKH DIUTEINUS CKPETICHBI
¢ 000JI0OYKOH W3 JMOCTATOYHO MPOYHOTO BHEKJIE-
TOYHOTO MaTepualia (THaJIUHOBEIA cioit) [3.4,6].

IIpu onucaHuu reoMeTpUYECKUX H3MEHEHUH,
CBSI3aHHBIX C TacTPYJAMEH, BBIISISIIOT aABe (a3bl
npouecca. IlepBuuHass MHBaruHalus HAauYMHAETCS
C YIUIOIIEHUS ¥ YTOJUIEHUS yYaCTKa B OKPECTHOCTH
BET€TaTUBHOTO IOJIOCA, YTO CBA3AHHO C MOJSPH-
3anuell KJIeTOK BEreTaTHBHOM INIACTHHKHA M C 00-
pa3oBaHHEM KJIETOYHOTO Beepa, XOTA W He BCerja
OTYETIUBO BBIpaXXeHHOT0. OTHOCHTENBHO OBICT-
pBIi IpolecC NEPBUYHOM HMHBAarvuHalUyd BHE3AIHO
MpeKpamaercs Mo MPOXOXKIECHUH BEPUIMHOW BBO-
paumBaromeiics obnactu 1/4-1/3 mytu no aHu-
MaJbHOTO noJtoca (puc. la) JlansHeiiiee pa3BuTue
oOpa3oBaBlIerocs BIAYUBAHUS — BTOpas (asa WH-
BarvHallUM — XapaKTEepU3yeTcsd PE3KUM YBeJIHue-
HHUEM €ro JJIMHBl U 3HAYUTEJIbHBIM CYKEHHEM, TaK
YTO OH MpEBpaIlaeTcd B JJIWHHYIO TOHKYIO TPYOKY
(puc. 10). Cyxaerca Takxke m oOpa3oBaBiieecs B
MpOoIlecCe TacTPYSIIUU oTBepcTHe (O61acTomop).
[Ipu sTOoM yBenmuueHHe yuciaa KIETOK H3-3a Jene-
HUU HE CIIMIIKOM 3HAUYUTENbHO. Takoe pacTsKeHue
00yCIIOBJIICHO TMepepaclpeeieHueM KIETOK II0-
CpPeICTBOM JaTepalibHOW HMHTepKaysuuu [7].

J g MHOTHX KOHKPETHBIX MOP(OTEeHEeTHIECKIX
MPOIECCOB MPOAEMOHCTPUPOBAHO, YTO HMHBAarMHa-
LM OCYIIECTBJISIETCS 3a CYET YCHJIMIl, pa3BUBaloO-
HIMXcss BHYTpM Iuiacta. B uwacTHocTH, mpu ract-
PYJIALMM Y MOPCKOTO €Xa 3TO yOEAUTENbHO IO-
Ka3aHO [ NEpPBUYHOM HMHBaruHaLMM, KOTOpas
pa3BuBaeTcs Ha (¢parMeHTe CTEHKH, COAEpKalleM
BereraTuBHyl IacTuHky [8]. Ilpu paspe3anHuu
3apOJBIIIE Ha BETETATUBHYIO M aHMMAJBHYIO IO-
JIOBUHY BEreTaTHUBHAas IOJOBHHA 3apOJbIIIA HIIH
Ja)ke MEHBbIINE €€ YYacTKH (BereTaTWBHAS ILIa-
CTMHKA) HAaYMHAJIM WHBATrUHHPOBATH B H3OJAIUHU
oT 0OoJjiee aHMMAJBHBIX YacTed W MPH OTCYTCTBUHU
KOHTaKTa C BHYTpeHHeW cpenoil. ['myOuna BbINA-
yuBaHus OblJa TPU ITOM MNPUMEPHO TaKOH Ke,
KakK U B pe3ylbTaTe OCYIIECTBIEHUS MEpBOH (assl
WHBarvHalluM NPH HOPMAJIBHOM pOCTE.

B nurtepatype o0cykaal0TCsi MHOTOUYHCICHHbBIE
Oouodu3nueckre MEeXaHU3MBI, KOTOPHIM TPHUIIHCHI-
BaeTcs pojib B CO3JaHUU YCUIIUH, 00ecreunBaromux
NMEepBUYHYI0 WHBaruHamuio. X cucreMaTu3anuio
MOXXHO HaWTH B pabotax [4,6] u yCIOBHO BEIICTUTH
HECKOJBKO TPYIIII.

BHyTpuKIEeTOYHbIE MEXaHU3MBI MPHBOIAT K
BO3HUKHOBEHHUIO CHJI, Pa3BUBAEMBIX 3a CYET CO-
KpaIl[eH:usI DJIEMEHTOB IIUTOCKENeTa, CTPEMAIIHXCS
nehopMHUPOBATh KIETKY, YTO B CHIIY CIIETUICHHS C
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(a) (6)

BereraruBHbIii 1ToIH0C BereraruBHbIN nomtoc

AHMMaJIbHBII MOJTIOC AHuManbHbII MOJI0C

Puc. 1. Cxema OCHOBHBIX 3TaloOB TacCTPYISAILUU MOP-
ckoro exa. [TomepeuHoe ceyeHue O1acTyibl Ha CTaJUU
HNEepBUYHON (a) M BTOPUYHOW MHBaruHanuu (0).

JIPYTUMHU KJIETKaAaMH UIHW BHEKJIETOYHBIMU CTPYK-
Typamu Bener K nepopmupoBaHuio miacra. Hawu-
0oJiee YacTO pacCMaTPUBAKT COKpPAIIEHHUE IMYyYKOB
MHKPO(QHUIAMEHTOB, JIOKAJIN30BAHHBIX B aNWKallb-
Ho# oOnactu kierok [9,10]. PaccmaTpuBaroTcs Tak-
K€ YyCHJIMS B JlaTepallbHOM HAIlpaBIE€HWUU, Pa3BH-
BaeMble KOHTPAKTIJILHBIM KOJBIIOM MHKpPOduma-
MEHTOB, OKPY)KaIOIUX HHBATHHUPYIONTYIO 00/1aCTh
[11,12]. Pexxe oOcyxmaercs BO3MOXKHOCTH COKpa-
IIEHUsT MUKPO(UIAMEHTOB WJIM Pa3BUTHUE YCUIUH
MUKPOTPYOOYKaMu B amuKo-0a3aibHOM HaIpas-
nenuu [13]. Bce Ha3BaHHbBIE MEXaHU3MBI JEHCTBYIOT
3a CcueT BO3HUKHOBEHHUS BHYTPEHHHUX CHJI HEMO-
CpPEACTBEHHO B KieTke. s uxX peanuzamuu BO
MHOTHX CJIydasx He0OXOIWMO IMAacCCHBHOE ydJacTHE
BHEKJIETOYHBIX CTPYKTYD.

PaccmaTpuBaroTcs Takke W MEXaHU3MBI, CBS-
3aHHBIE C AKTHBHBIMHM MEXKKJIETOYHBIMH B3aMMO-
JIEUCTBUSIMHU ¥ B3aUMOJEUCTBUIMU MEXIY KJIETKa-
MH U BHEKJIETOYHBIM MATPHUKCOM, OMpPEIEISIONIne
yCUJIUsI, BO3HUKAIOU[UE B IJIACTE MPHU PacCHIacThl-
BaHUHU KIJIETOK oAHa mo apyroi [3,13,14]. Mex-
KJIETOYHBIE MEXaHHYECKUE B3aMMOIENCTBUS OOBIY-
HO CBSI3BIBAIOT C MPEACTABICHUSIMU O MEPEMEHHOUN
MexKJeTouHod axaresuun [13,14]. VYrTeepxnaercs,
YTO YCHUJIME, 3aCTaBISIONIEE KIETKY pacliacThbl-
BaThCsl MO COCEAHEW, MOXKET U3MEHAThCS BO Bpe-
MeHHU 00 Mo Bcell MOBEPXHOCTH KOHTAKTa, JIMOO
10 4acTU 3TOM MoBepXHOCTU. HeomHOKpaTHO OT-
Mmeuvasnock [13,15], yTo MexaHHYECKHE CIEIACTBUS
JONYUIEHUs O MEPEMEHHOMN aAT€3UBHOCTHU NPHU pac-
CMOTPEHUHM HMHBATMHALMU HEOTIUYUMBI OT JEHCT-
BHUSl amnuko-0a3zajdbHO HAINPaBICHHBIX AaKTHUBHBIX
cun. Ilpu sToMm cinegyer umeTb B BUAY, YTO pac-
MJIaCThIBAaHUE KJIETKHM HUKOUM 00pa3oM HE MCKIIIO-
9JaeT, a Ha000poT, MoIpa3yMeBaeT aKTHBHOCTh LIH-
TOCKEJIETa.

PaccmaTpuBatoTcs Takke yCHIHS, BO3HHKAIO-
mue B TOHKOM CJIO€ BHEKJIETOYHOTO MaTpuKca
(rmanmHOBBINA cioil y Mopckoro exa) [16]. Kpaiine
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peIKO YINOMHUHAETCsl ydyacTHE B MpOIlecce MepBUY-
HOH MHBarvuHaluy KJIETOYHBIX MEpeynakoBOK [3,7].

MHOTUMH aBTOpaMu MPOBOJUIUCH PAaCUETHI,
MMEBIIHE IENbI0 MPOAaHAIU3UPOBATH PAa3TUUYHBIC
KOHKpeTHble rumnote3nl [4,15,17-25]. OHu He mo-
3BOJUIIN CHeNaTh JIOCTATOYHO YOEIUTENbHBIE BBI-
BOJBI O MPEBOCXOJICTBE OJHUX BO3MOXKHBIX MEXa-
HHU3MOB HaJ Apyrumu. Bce Takue pacyersl BBINOJI-
HSUTUCh HAa TPOMO3JKUX KOHEYHO-3JIEMEHTHBIX MO-
JIeNsiX, JOCTYMHBIX TOJbKO YHUCIEHHOMY HCCIeNo-
BAaHWIO W HE JOMYyCKAIOMMUX KadyeCTBEHHOTO aHa-
nu3a. Kpome TOro, oHM OmMpanuch Ha TMPEACTaB-
JIGHHEe O IUIacTe KaK O YHUCTO YIOpPyroM Tene, Ha
KOTOPBIN HAJ0KEHO HEKOTOPOE MPOCTPAHCTBEHHOE
pacmpezneneHue BHYyTpeHHUX ycunui. Huke Oyner
MOKa3aHO, YTO TaKO€ MPEACTaBICHUE B MPUHIIUIIE
HE MOXET O00eCIeuHuTh paclpeeleHe TeoMeTpH-
YECKUX XapaKTEepPUCTUK, aJeKBaTHOe HalOIomae-
MOMY.

ITocnenyromee MoAenupoBaHUE WHBAaruHAaLUU
HOCHT JOCTAaTOYHO OOMIMU XapakTep, OJHAKO IpH
CpaBHCHUU C JaHHBIMH HaONIIOMeHWH OymayT wHC-
MOJIb30BATHCSA (DaKThI, OTHOCSIIHECS K MEPBUYHOMN
WHBAaTUHAIIMN Y MOPCKHUX EXKEH.

B npennaraemoii paboTe MCIONB30BaH MaKCH-
MaJlbHO O0O0OOILEHHBIH MOJIX0J, OCHOBAaHHBIM Ha
NpPEACTAaBICHUH IOJIHOTO HAaNpsDKEHHUsS B KIETOY-
HOM cpene Kak CyMMBl aKTHUBHOM M IacCUBHOM
cocTaBisOMUX. 18 BTOpOl M3 HUX NpHUHATA 3a-
BUCUMOCTh OT JedopMauuif, COOTBETCTBYIOLIAS
BSI3KOYIPYrOMY MOBEIEHHUI0O MAaKCBEUIOBCKOTO TH-
na. Pacuersl BBINOJHSUIMCH B JBYMEPHOM IOCTa-
HOBKE C HCIIOJb30BaHWEM KBa3MOJHOMEPHBIX CO-
OTHOILIEHHUM, B KOTOPBIX AMHAMHYECKUE TEepEMEH-
HbI€ IpPEICTABICHBl YCPEAHEHHBIMU II0 CEYEHHIO
njacra CHJIaMM M MOMEHTaMu. UHCIEeHHO uccie-
OYIOTCSl CIIEACTBUS COTJIACYIOIIMXCS C SKCIIEPUMEH-
TaJIbHBIMH JaHHBIMH JOMYIIEHUN O paclpeaeIeHI
AKTUBHBIX YCHIMH B IUIACTE€ WU €ro HACCHUBHBIX
CBOWCTBax, KOTOpbIE MPHUBOIAT K (opmMooOpazo-
BAHHUIO, XapaKTepHOMY sl uMHBaruHanuu. O6Cy-
KIAIOTCS MEXaHH3MBl KJIETOYHOTO YPOBHA, CIIO-
coOHbIE 00eceduTh HeOOXOAUMYIO CTPYKTYpPY aK-
THBHOCTH.

ITepBoHayanbpHasi MOCTAHOBKA 3aJa4d U Ipe.-
BapUTEIbHBIE PE3YNbTATHI OBIIM KPaTKO OMYyOIH-
KOBaHBl paHee [26].

MATEMATUYECKAS MOJEJIb
N ITOCTAHOBKA 3AJJAYU

B pazBuBaromuxcs 3MUTEIUAIBHBIX TKaHIX Je-
¢dbopmanus Ha KIETOYHOM YpPOBHE oOecreunBaercs
OBYMS KHHEMAaTHYECKH pPa3JIMUYHbBIMH MeXaHH3Ma-
MU: nedpopManmsIMU COCTABISIOMIMX MJIACT KIETOK
U UX NEepeynakoBKOMW, T.e. IPOCKaJIb3bIBAHUIO KJlE-
TOYHBIX MEMOpaH OJHAa OTHOCHUTEIBHO IPYroi ¢

JIOI'BEHKOB u np.

NepecTPOUKON KJIETOYHBIX KOHTaKTOB M, BOOOIIe
FOBOPS, BOBMOXKHOH B pe3yJbTaTe CMEHOU cocenei
(B mocnmegHeM ciaydae TOBOPAT 00 HHTEPKAIAIHIX).
Bynem ncxoauTh W3 CIEIYIOIMIUX OCHOBHBIX JOIIY-
IIEHUH, 0000IAaOMMX MHOTOYHCIEHHBIE NaHHBIE
SKCIIEPUMEHTOB W HaONIoOqeHui, MOJIydeHHbIE Ha
pa3nuuyHbIX 00BeKkTax [27,28]

1. CyOkierounbsie MEXaHU3MBbI, CTIOCOOHBI pa3-
BHUBaTh ycuius, nepopmupyrommue Kierky. HMwme-
I0OTCSl CYOKJIETOYHBIE CTPYKTYPHI, KOTOpBIE 00ec-
MMEYUBAIOT Pa3BUTUC }/CI/IJII/Iﬁ KakK IJisd MoJidpru3anuu
KJIE€TOK, TaK W [JId BO3BpallCHUA COCTABJIAIOLIUX
SIUTENNUAIbHBIA MJAaCT KJIETOK K OTHOCHUTEILHO
sKBUAMAMeTpuUeckoil ¢popme. Ecnu Takoe Bo3Bpa-
LIEHHE 3aTPYIHEHO, COOTBETCTBYIOINE YCHUIIHS CTa-
HOBSITCSI CTUMYJIOM IepeynakoBKU. B 3Tux peak-
OUSX TPUHUMAIOT y4acTHe KaK MeXaHHW4ecKas ak-
THUBHOCTbH IIUTOCKENETa, TaK U TYypropHoe JaBie-
HHUE, pacnupaloniee KIeTKY.

2. MexaHn4ecKoe HarpyXeHue KJIeToK (3a cuer
yCWINH, KaK NPHWJIOKEHHBIX W3BHE, TaK M pa3BH-
BaeMbIX €e BHYTPEHHUMHU CTPYKTypaMu) MPHUBOIUT
K IBYyM OCHOBHBIM peaKIUsAM: OBICTpOI 0OpaTumMoit
nebopmanum, ompenenseMoi nehopmanusiMu OT-
JENbHBIX KJIETOK, U MEAJIEHHOH HeoOpaTUMOH ae-
dbopmManum, onpeaensieMol MepeynakoBKOW U Ha-
MpaBIE€HHONW Ha BO3BpalleHHE KJIETOK K HOpMallb-
HOH (M3oxMameTpuueckoil) ¢opme.

3. IlepeynakoBka HMEET MNOPOTOBBIM Xapak-
Tep — HYXEH JOCTaTOYHO BBICOKHMH ypOBEHb Ha-
IPYXEHHsl Uil TOro, 4ToObl OHa Hayala pa3BH-
BaThCH.

Mogens 5MOpHOHANBHOTO DMHUTENUS, B KOTO-
poli dopma KIETOK SIBISETCS YIPaBISIONIMM Ma-
pPaMETpOM, KOHTPOJIHUPYIOHNIUM AKTHBHYIO KJIETOY-
HYIO PEaKIIMIO, HAlPaBJACHHYI0 HAa HW3MEHEHUE Ha-
MPSHKEHHO-1e()OpMUPOBAHHOTO COCTOSIHUSA CpPENbl,
paccmoTpeHa B pabote [28]. B nacrosieir pabote
OyleT HCIOJIb30BaThCs OoOJiee TpOCTas MOJIEHb,
YUHUTHIBAIOMAs CHOPMYIUPOBAHHBIE BBIIIE CBOMCT-
Ba 0e3 SIBHOTO ydyeTa (QOPMBI KIETOK.

Bocnonb3yemcs 00muMu npeacraBieHUsIMUA 00
aKTUBHBIX HAIllpSKEHUSX B CIUIOLIHOM cpene, Mmpea-
CTaBISIOLIEN pa3BUBarOIIylOCcs TKaHb [29]. Byaem
UCXOOUTh M3 TOIO, YTO IIOJIHOE HaNpsDKEHHE B
cpene SIBISIETCS CyMMOM aKTUBHOM M IAacCCUBHOM
cocraBistomux. [lepByro u3 HUX OyneM CBA3BIBATH
C nIeWcTBHEM BHYTPEHHUX IJA KJIETKH CHJI, CTpe-
MAMUXCA U3MEHUTH ee popMy (aKTUBHOCTH ITUTO-
CKeleTa, TYpropHO€ JaBlIeHHE U T.[.), BTOPYI —
C YCHIIMSMH, CBSI3aHHBIMH ¢ jaedopmanusmu (yno-
pPYTUMHU W HEynpyrumu) kijerouHod cpenbl. Kon-
KpPEeTU3upys. MOJENb U IMpeanoyiaras ymnpyroe Io-
BEJCHHE TKAHW JIMHEHHBIM, OyJeM ONHCHIBAThH Te-
YEHHE TaKOH cpenbl COOTHOLIEHUSIMU CIEAYIOIIEH

CTPYKTYPBI:
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)

d
=N+ G, e= E(AGP) + ei(op).

CooTHomeHUs BHINTUCAHBI B OOIIEH TEH30pHOI
(I)OpMe, XOTA BO3MOXHOCTb HX MNPUIOKCHUA OJIA
TPEXMEPHBIX 3aaa4 06IIICFO BHJa OCTA€TCA OTKPLI-
TOW ¥ B HacTrodlleld paboTe HEe paccMaTpUBAETCA
(cm. pabotsr [28,30]). 3mech O — TeH30p Hamps-
KCHHﬁ, N u 0'p — TCH30Pbl aKTUBHBIX U IMAaCCHUBHLIX

HamnpsDKEHUH, A — TEH30p YHpyrux Ko3QduuueH-
TOB, € U €, — TEH30PBbl CKOPOCTEH IOJHBIX M
Heynpyrux aepopmanuii. Bropoe u3 cooTHomenuii
(1) omucelBaer BA3KOYIpPYroe IOBEIEHUE CPEabl
MAaKCBEINIOBCKOTO THIIAa — OBICTPBIA YIPYTHHA OT-
KJIIMK U IOCIEAYIOLIYI0 I0JI3y4ecTb, CKOPOCTh KO-
TOpO#l ompesnensiercs NaCCUBHBIMHU HATIPSKCHHUSIMU.
Takas mon3ydecTp HE 00S3aTENHHO YHUCTO MACCHUB-
Ha M MOJKET BKJIOYaTh aKTUBHOE B3aNMHOE Iepe-
MEIIEHHE KJIETOK. YIpPYroe ciaraeémoe B NpaBOM
4acTH 3TOr0 COOTHOUIEHUS COOTBETCTBYET CBOM-
CTBY KIJETOK BO3BpallaTbCi K OJKBUAUAMETPHUYE-
CKOW QopMe NpH CHATHH HArpy3Kd, TOTAa Kak
IpYyroe ciaraeMoe OIIMCBHIBA€T PacCTsDKEHUE Kile-
TOYHOW cpeapl moJ Harpy3koi. B cooTBercTBuHu
C TPETbUM M3 IEPEUUCICHHBIX BbIIIE OOMUX 10-
MyIMIeHui, MpPH HANpPsDKEHUSAX HUKE HEKOTOPOTro
MOPOTOBOTO YPOBHA TEUYeHHE (CBA3AHHOE C B3aWUM-
HBIM TIepEeMeNIeHneM KJIETOK) He pa3BHBAeTcCsS U B
MpaBoi dYacTW BTOpPOro ypaBHeHHS (1) HOJKHO
COXpaHUTHCS JULIb INepBoe cinaraemoe. CooTBeT-
CTBYIOIIME COOTHOIICHHs] B OOIIeM BUIE 34ECh HE
paccMaTpuBalOTCI M OyOyT BBENEHBI HHUXKE IS
YacTHOTO KJIacca MPOIECCOB.

MexaHU3MBI YIIPaBICHUS aKTUBHBIM HampsiKe-
HueM N mpennonararoT oOpaTHBIE CBA3U C COCTOS-
HHEeM o0bekTa (Mpexie Bcero ¢ GopMON KIETOK),
KOTOpbl€, OAHAKO, HE YUYUTHIBAIOTCA B JAHHOU
pabore. Hama menr — HaWTH Ha KOHKPETHOM
MpUMepe WHBAarMHAIMW IUTacTa pacrpeneneHue (B
MPOCTPaHCTBE U BPEMEHH ) aKTUBHBIX YCUIIUH, 0Oec-
ne4yuBallee HalOJIr0JaeMble I'€OMETPUUYECKUE W3-
MEHEHHS.

Hdanee Oynem WHTEpecOBaThCA KauyeCTBEHHOM
CTOPOHOW Tmporecca WHBaruHanuu. [losTomMy s
NPOCTOTHl aHajdu3a PacCMOTPUM, CUUTAs COCTOS-
HHUE MaTepHalia MIOCKOHANPSKEHHBIM, IBYMEPHYIO
3a7a9y 00 M3rHOaHWM 3aMKHYTOTO, MEpBOHAYAIb-
HO KpYTroBOTO, IUIOCKOTO CIOS C MOCTOSHHBIM
BJ0JIb HEKOTOPOM OCH (HO MEHSIOUHUMCS BO Bpe-
MEHH) IOIMEpPEYHbIM CEYEHHEM, BHYTPHU KOTOPOTO
MOIIEPKUBAETCSI TMOCTOSIHHOE BHYTPHUIIOJIOCTHOE
JaBjeHUEe p. YUHUTBIBAs MaJOCTh TOJIIHUHBI CIOA
M0 CPaBHEHHUIO C XapaKTEPHBIM pa3Mepom OJacrty-
Jbl, BBEAEM YCpEIHEHHbIEe MO TOJIIHHE CJos Be-
JIUYUHBI, OTHECEHHBIE K HEKOTOpPOIl OMOpPHOU IH-
HuHU (moBepxHOCTH). BrIOOp omopHO# AMHUU HOC-
TaTOYHO MPOU3BOJIEH, OJHAKO I[EIecCO00pa3HO BHI-
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Puc. 2. YcpenHennsle AMHAMUYECKHE XapaKTEPUCTHKH,
onpeznensiomue AehOpMUPOBaHUE MIOCKOTO ILIACTA.

OupaTb ee B HauMeHee aehopMHpyeMO# wYacTu
niacra. [losToMy mpu HajaM4uu TOHKOHW obiactu
MOBBIIIEHHON JKECTKOCTU (BHEIUHUN THAJIUHOBBII
cimoit B OnacTyje MOPCKOTO €Xa) pa3yMHO OTO-
KAECTBIATH OMOPHYIO JIMHUIO HMEHHO C 3TUM 00b-
eKTOM. B nanpHeilnieM mpuMeM yCIOBHE HEpaCTs-
KHMOCTH OIIOPHOW JIMHUU.

B kaxno#l Touyke OmoOpHON NMHUM B aedop-
MHPOBAHHOM COCTOSIHHHU BbIOEpEM JIOKaIbHBIY Oa-
3UC, 00pa30BaHHbIA CAMHUYHBIM BEKTOPOM [, Ha-
MPAaBJIEHHBIM IO KacaTelbHOM K ONMOPHOU JUHUU
B CTOPOHY BO3pacTaHMs OTCUUTHIBAEMON BHOJb
IJacTa KOOPJMHATH S_y CAWHHYHBIM BEKTOPOM
l,, OpTOTOHANBHEIM K [;, JIE&KAaIUM B IIOCKOCTH
CeUeHUs] W HaINpaBJICHHBIM BO BHYTPEHHIOO 00-
nacts (puc. 2). CpenHee mo TOJIIMHE CIIOS 3HA-
YeHHE IMPOU3BOJIBHON BEIMYMHBI () OIpenensercs
mo dopmyie

)
1
©) = g£¢dxz-

31ech & — TOJINIMHA CJIOS; WHTErPUPOBAHUE
HNPOBOJUTCA IO CEYEHUIO, IMEPHEHIAUKYIIPHOMY
ONOPHON JIMHUU;, KOOPAWHATA X, OTCUUTHIBAETCA
OT ONOPHOW JIMHUM B CTOPOHY BHYTPEHHEH IIO-
JIOCTH.

HamnpsbkeHHOE COCTOSIHHME IlacTa XapaKTepHu-
3yercs pacrtaruparomei cunoit T =08(G,,), mepepe-
3piBatolelt cuioit Q = 8(0,,) W H3rHOAIOUUM MO-
MeHTOM M =—0(C,,x,), OTHECEHHBIMH K €IMHHIIE
JUTHHBI B HAMPAaBJICHUM, MEPICHIUKYISIPHOM TIIOC-
KOCTH PUCYHKA.

Torma s ycpenHEHHBIX BETUYHH CIIPaBeIJIv-
BBl CIEAYIOIINE yYpaBHEHHsS PaBHOBECHs, 3aIMCaH-
Hbl€ B JIOKaJIbHOW cucreme koopauHat [31]:
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Puc. 3. Cxema neiicTBHUsl CHI Ha 3BEHO C HOMEPOM I.
CTpenkoil yka3zaHO IOJOKHTEIbHOE HAIPAaBICHHE OT-
cyera YIJOB.

g—g—kao,g—g+Tk—p=O,
()
a£+Q—o k—-a—“
9S R

3nech 0S — 3JEMEHT UIMHBI OTIOPHOU JIHMHHH,
k — KpWBH3HA 3TOH JUHHUH, O/ — YTOJ, OTCUUTHI-
BAa€MbIi MO0 YaCOBOW CTPENKE OT MOJOXKUTEIBHOTO
HanpasaeHus ocu Oy, A0 KacaTeNbHON K ONOPHOM
nuHUU. YpaBHeHHUs (2) He coxepkaT KaKux-Tubo
JNOMYLIEHUH O MpPUpOnAe ACHCTBYIOUIUX CHII.

Cucrema ypaBHEHHH (2) HOJDKHA 3aMBIKAThCA
C HWCIIONIb30BaHHWEM YypaBHeHHH cocrosHus (1). B
o0mmieM cimydae mpoueaypa yCpeIHEHUs MOCIeTHUX
JIOCTATOYHO CIOXHA, €CIM YYUTHIBATH HEOJHOPO-
HOCTb pacHpeleneHusl NEPEMEHHBIX MO TOJIIUHE
ciosi, 1 TpedyeT ydera BBICIINX MOMEHTOB. bymem
MpeanojaraTh, YTo ACHCTBUE aKTUBHBIX HampsKe-
HUH B IUTACT€ MOXKHO HHTErPalibHO OMHUCATh (-
(heKTHBHBIM aKTUBHBEIM MoMeHTOM G [32]. B co-
OTBETCTBUH C OOIIUM IMOJX0JIOM, IPEACTABICHHBIM
ypaBHEHUsIMH (2), IpUMEM cleylolIue COOTHOIIe-
HHUS, CBSA3BIBAIOIIME AKTHUBHBIM MOMEHT (G, HU3TH-
Oaromuii MOMEHT M W M3MEHEHHE KPUBH3HBI Kk:

_ de dM, 3)
M_Mp+G, - d B +1|1(Mp).

3mecs B MMeeT CMBICI W3TMOHOM JKECTKOCTH,
a (QyHKIHS | MPUHUMAETCA B BUJIC

W(M,)=0 npu |M,|<M*,

1

WM ) = (M, = M%) ipu M,>M*,  (4)
1 i}

W(M ) = (M, + M*) npn M <M *

CooTHomeHus (4) OMUCHIBAIOT Te ke 3 PEeKTHI,
4TO0 M o0mue peosiormueckue cooTHomenus (1), B
TOM YHCJIE CYIIECTBOBAHNE MTOPOTOBOTO HAIPSIKEH-
HOTO COCTOSIHHSI CpeIbl, XapaKTepHU3YIOIerocs B

JIOI'BEHKOB u np.

JAaHHOM CJy4ae MOPOTOBBIM aCCUBHBIM MOMEHTOM
M*, HWXe KOTOPOTO HE BKJIIOYAETCAd MEXaHU3M
HeoOpaTuUMoOro AeQOpMHUpPOBAHHSA. 3aBUCHMOCTH
U3MEHEHUs KPUBU3HBI OT Mp B 3aIl0pOTOBOM 00-
JACTH CUUTAETCS JIMHEHHOMU.

VYpaBuenus (2)—(4) 00pa3yroT MOJTHYIO CUCTEMY
ypaBHEHUH [IJ HaXOXKIEHUs Heu3BecTHBIX 1, O,
M u k, onuchIBAOIINX paclpeneneHue CUll, U3THU-
0aromero MOMEHTa M KPUBM3HBI CIOS IO TaHICH-
LUajJbHOU KoopauHate S.

[Ipu ananuze popmooOpa3zoBaHUs 3aMKHYTOTO
njacTa ero IepBOHauajlbHas (opMa cuuTaercs
KpyroBoi ¢ paauycoM, paBHbIM R, B mnmacre
3aJjaeTcd M3MEHSIoIIeecss BO BpPEMEHHU, HadMHas C
HEKOTOPOro Ha4yaJbHOTO MOMEHTa BPEMEHH, pac-
npeJeneHre akTUBHOTO MOMeHTa G 1o KOOpANHATe
S. Nmyrtca nedpopManum miacra, COOTBETCTBYIO-
M€ pa3InyHbIM 3aKOHAM TaKOTO paclpeneiacHus.

B xauecTBe rpaHUYHBIX YCIOBUN UCIOIB3YIOTCS
YCIIOBUSI TIEPHOJAUYHOCTH ISl CHJI M U3THOAOIIEro
MoMeHTa. HavallbHbIE YCIOBHUS JJISI 3TOW CHUCTEMBI
npu t = 0: k = /Ry u M = 0.

UNCJIEHHBIE PACUETHI

IIpu 4uCIeHHBIX pacyerax HCIOJIb30BaIOCh
NpENCTaBICHUE 3aMKHYTOH KPUBOW MHOTOYIOJb-
HHUKOM, COCTOSIIHMM H3 3BE€HLEB OJMHAKOBOW IIO-
crossHHOM mnuHB [. CXeMa TPUIIOXKEHUS CHI K
KaXXJIOMy 3BEHY IpEICTaBlIeHa Ha puc. 3. YCIOBHS
paBHOBeCcHSl I Ka)XJOT0 3BEHA HMEIOT CIEeaylo-
WA BU:

T;1c089;,, — Ticos@, — O, sin@,,, — O sin@g,; =0,
TisinQ,, + T'sing; + Q,,,c089,, — Q,cosQ; = pl,
M, —M,;+ Qlcosg;— T Ising; + pl?/2 = 0,
M;=(G;+ M ,)cosg,

1

EAMpi:Aki npu M |<M*, 5)
LM+ — M = Ak M >M*
E p,-+( P,-_ )g_ i 1pH P> ’
1 At .
EAMpi'f‘(Mpi‘FM*)F:Aki Inpu Mp<—M .

2sin(@,/2)
" Neos(9/2)”

3necy cumMBosioM A o603HaueHa pa3HOCTH 3Ha-
YeHHWI BENWYUH Ha TEKyIIeM U MpeablaAylleM Bpe-
MEHHBIX Iarax, a paauyCc KPUBHU3HBI B KaXAOH
TOYKE ONpeneNseTcs KaKk CpelHee TeOMEeTPUYEcKoe
pPaANycoB BIHUCAaHHOW M OMHCAHHOW OKPYKHOCTEH
OTHOCHUTEJIBHO TPEYrOJbHUKA C BEpIIMHAMH B y3-
nax ¢ Homepamu i — 1, i u i + 1. [IpucyrcrBue
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MHOXKHTENS COSQ; B YETBEPTOM YPABHEHUH CHUCTE-
MBI (5) OOBsICHAETCS TEeM, YTO CHJIbI, pacmpeie-
JICHHBIE IO TOPLEBOM MOBEPXHOCTH 3BEHA C HO-
MepoM i + 1, rpaHuyamieil co 3B€HOM C HOMEpPOM
I, ¥ JCHCTBYIOIME HA HEro, COCTABIAIT Yrol @;
C HOpMaJbl0 K TOPIEBOW MOBEPXHOCTU CTEPIKHS
C HOMEpPOM 1.

Ha xaxpom mare Jjs npUpameHuil CUII, MO-
MEHTa U KPHUBU3HBI HCIOJb30BAIUCH JIMHEAPHU30-
BaHHbBIE COOTHOLIEHUS, COOTBETCTBYIOIIHE COOTHO-
meHusiM (5) U BBIMMCAHHBIE B Oe3pa3sMEpHBIX Iie-
PEMEHHBIX:

5_OR = TR - pR> = G - M
Q_ G*’T_ *’p_ GX’G_GX’M_GX’
~ M . ¥ o~ ] tG, ~ BR

:—p = — =— = = —
Mp X,M G*’l R,t 6R’B .

rae G. — HEKOTOpOe XapaKTepHOe 3HAaueHHE aK-
THUBHOTO H3THOAaromero MOMEHTA.

ITonyyenHas nnsg npupaiieHUd JTUHEHHAs CUC-
TeMa anreOpaMveckuX ypaBHEHHW pelanach YHC-
nenHo MeroaoMm [laycca. 3HaueHHS HEU3BECTHBIX
BEJIMYMH Ha cleaylolleM Iuare (o BpEeMEHHU) Ha-
XOJSTCS CIOXKEHUEM HaWJAEHHBIX NpUpALIEHUs C
W3BECTHBIMHM Ha MpENbIAYIIEM IIare 3HAa4YCHUSMU
BEJIMYMH. PacueTsl NpOBOAMIUCH B IIMPOKOM HH-
TepBajie 3HAYECHUI 3aJaBaeMbIX BelHuMH. B kadge-
cTBe 0a30BBIX OBLIM BHIOpPAHBI CIEAYIONIHE 3HAYE-
HHs Oe3pa3MepHBIX IapaMeTpoB, IMPH KOTOPBIX
MOJIETUPYEeMbI¢ 3D (HEKTHI XOPOIIO BHIPAKEHBI: P =
0,05, B =2, M, = 0,1.

HalineHnsle B pe3ysnbTaTe pacueToB IOCIENO0-
BaTENBHOCTH OPM BO BPEMEHHU KaYeCTBEHHO CpaB-
HUBAJIKUCh C HAOJIIOJAeMbIMU NPH NEPBUYHOU HH-
BarMHallMd y MOpPCKOTO exka. Yucro ympyroe mo-
BEJCHHE IUIACTa, COOTBETCTBYIOIIEE OECKOHEYHO
607BIOMy Hopory M *, He naeT MpaBaONOA06HOI
KapTHUHBI TECOMETPUYCCKUX W3MEHEHUUN HU Ipu Ka-
KUX pachpefeneHusX akTUBHOTO MOMEHTa. YIpy-
rasg MOJelb HEAOCTaTOYHA XOTA OBl MOTOMY, YTO
B paMKax 3TOW MOJenu BO3HHMKIIAs popma mocie
MpeKpaleHnss MEXaHn4eckoil akTUBHOCTH (cOpoca
aKTUBHOTO MOMEHTa () BO3BpalllaeTcs K IEepBO-
HAa4yaJlbHO KpyroBoHd (eciu He mepellieH mnopor
coOCTBEeHHO ympyro# ycroitunBoctu). Kpome toro,
pacyeTsl N0 YUCTO YHOpPYrod MOJAENH HE NMPUBOAAT
K (opmMaM ¢ OTYETIMBO JIOKaJIM30BaHHOW o0O0ma-
CTbIO HMHBAarvHalnuu, KakK 3TO MNPOUCXOOUT B pcC-
aJIbHOCTH.

Pacuersl, nmpoBeAaeHHBIE OIS pa3jlUYHBIX pac-
MpeaeeHnii aKTUBHOTO MOMEHTa, MOKa3aJld, YTO
($bopMBI, CXOAHBIE C peaJbHBIMHU, 00pa3yloTCs JIHUIIb
IPU ONPENETIeHHBIX 0COOCHHOCTSIX TaKOTO pacipe-
JeJICHNS, @ MMEHHO: aKTHUBHBIH MOMEHT OTJINYEH
OT HYyNd B HEKOTOPOH orpaHWdeHHOW oOsacTu,

BUOD®U3UKA Tom 61 BeIm. 6 2016

Puc. 4. DBomronnst GOpMEI CIIOSI IPH Pa3IHIHBIX pac-
IIpeleleHuAX aKTUBHOI'O MOMEHTA: a — 3HaKOIIEPEeMEH-
HBIH aKTHBHBIH MOMEHT, 0 — 3HAKOIOCTOSHHBIH aK-
TUBHBIH MoMeHT. Kpuseie /, 2, 3, 4 momaydeHsl Ipu
Homepe mara 0, 20, 100, 280 coOTBETCTBEHHO.

KOTOPYI0O MOXHO OTOXIECTBUTHh C BEreTaTUBHOM
niIacTuHKoi (~1/4 xpyra), mpuueM HUMeeT pas3HbIN
3HaK BO BHYTpEHHell u nepudepuilHON 30HaX 3TOU
00acTu: BO BHYTPEHHEH 30HE OH CTPEMUTCS H30-
THYTh IJIaCT BOBHYTPb, BO BHEIIHEH — BOBHE. IIpu
TaKOM Xapakrtepe pacnpezneneHuss G BOCIPOU3BO-
JIATCSI BCE OCHOBHBIE TEOMETPUIECKHE 0COOEHHOCTH
MEepBUYHON MHBATMHAIMU: OTYETINBOE BBHIJCIICHHE
obnacT WHBarWHaIuu, ONW3Kasg K HOPMAaJIbHON
OopHeHTaluss G0KOBOM CTEHKHU BISIYHMBAHMUS.

Oousronust GOPMBI CIIOSI IPU Pa3NUYHBIX pac-
NpeAeleHUsIX aKTUBHOTO MOMEHTa IIOKa3aHa Ha
puc. 4. B noaspHBIX KOOPAMHATAX, CBSI3AHHBIX C
MONEPEYHBIM CEUEHHEM ClIos B HenehopMUpOBaH-
HOM COCTOSIHUH, CTALlMOHAPHOE paclpeesieHne ak-
TUBHOTI'O MOMEHTA, UCIO0JIb3yEMOE B pacuerax, OIHu-
CBIBAETCS CIEAYIONIEH 3aBUCUMOCTRIO: G = 2,5 pu
lof < /12, G = -1 mpu W12 < |0 < /8 u G =
0 mpu ocTanbHBIX 3HAYEHUAX YIJIOB (OTCYET YIJOB
NPOU3BOIUTCA OT BEPXHEW TOUKH OKPYXKHOCTH).

Pacnpenenenus co 3HaKOMOCTOSIHHBIM aKTHUB-
HBIM MOMEHTOM G = 2,5, OTJIWYHBIM OT HYIA
TOJIBKO MNpH 3HAa4YeHHsAX yrioB |0 < /8 (a K
TaKOBBIM MOTYT OBITH CBEJIEHBl BCE MMEIOIUECS B
JUTEepaType MOMBITKH MOJESIUPOBaHUs), HE MO3BO-
JISIOT BOCHPOU3BECTH BCE 3TH OCOOEHHOCTH U, 00-
Jiee TOro, MPUBOISAT K MOSBJICHUIO HEHAOII01aeMBIX
(GopM: CIIIOCHYTOCTH OJacTyilbl B BEHTPAJIBbHO-
aHMMAaJbHOM HAalpPaBJICHUH, PACIINPEHHUE BEPIIMHBI
apXeHTepOoHa.

Pa3BuTHe MHBarnHauu BO BPEMEHHU aIeKBATHO
BOCIPOU3BOJAUTCS MOCTENEHHBIM HapacTaHHEM aK-
TUBHOTO MOMEHTa C MOCIeNylIuM cnajioM. B
npouecce AeopManun B ITOM CIIy4ae BBIAEIAIOTCS
JIBE CTaJNH: HAKOIJICHNE aKTHBHOTO MOMEHTA IMpH
HeOonpmux aepopmamusax (ympyras cragusd) W
Mpolecc 3HAYUTENbHON HEyHmpyroi aedopmariuu,
3aBepmiaeMoil cOpocoM akTHBHOTO MoMmeHTa. Ilpu
3TOM JOCTaTOYHO BBICOKUH YPOBEHb NOPOTrOBOH

BENTMYMHBI M * W JOCTATOYHO AIHUTENbHOE MPeOBI-
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BaHWE CHCTEMBl B 3alIOPOTOBOM 00JacTH IMO3BO-
JNAIOT €d 3aKpenuTh IJOCTUTHYTYI ¢dopMy, a He
BO3BPAaIaThCAd K UCXOAHOU TOJBKO MOJ AEUCTBHEM
JOAaBJICHUSA B IIOJIOCTH.

IToBpIlIEHHE BHYTPEHHEro AaBieHUs (KOTOpPoOeE
MOJKET UMETh MECTO M3-3a M3MEHEHHS OCMOTHYE-
CKOW Pa3HOCTU MEXIYy MOJOCThI0 U BHEIIHEH cpe-
JI0¥) 3aMeisieT UHBAaruHAaIMI0O U MPHU JOCTATOYHO
BBICOKOM YPOBHE€ MOXET €€ OCTaHOBUTH, YTO IIOA-
TBEPIKAAaeTCs dIKCIEPUMEHTAIBHBIMA AaHHBIMH [33].

Pacuersl noka3pIBalOT, YTO AEUCTBUE PACCMOT-
peHHOFO MeEXaHu3Ma J0CTATOYHO yCTOfI‘IPIBO B TOM
CMBICIIE, YTO XapaKTEePUCTUKU (OPMOU3MEHEHHS
Malio tIyBCTBI/ITC.]'ILHLI K J€TalIsasM pacnpeaeneHmI
AKTUBHOI'O MOMCHTA:. €0 3HAUYUTCIIBHOC Bapm/lpo—
BaHUE HE Hapyliaer oOIIeH KapTUHBI.

OBCYXIAEHUE

[IpunaTHl B HacTosimel paboTe MOIXoxa, Oc-
HOBAaHHBI Ha HCIOJB30BAaHUM OOOOIIEHHBIX Xa-
PaKTEpUCTUK MEXaHMYECKOTO COCTOSIHUA IIIacTra,
MO3BOJISIET cIenaTh BBIBOABI CTOJNb K€ OOIIero
XapakTepa 0 crmoco0e opraHHW3alNi WHBAarmHaILlH-
OHHOTO Tiponecca. OnHAaKO Ternepb BO3HUKAET JPY-
ras mpobyiemMa — MOHATH, KaKUe KJIETOYHbIE MeXa-
HU3MBI CIOCOOHBI CO3AaTh COOTBETCTBYIOLIUE YCH-
nus. HecMoTpst Ha HEJOCTATOYHOCTh AAHHBIX A
OKOHYATENbHBIX 3aKJIIOYEHUH, MOKHO MOIBITATHCA
WHTEPNPETUPOBATh MOBEIEHHE IUIaCTa BO BHYT-
peHHell yactu o0nacTu M3rubOaHus Ha SI3BIKE Kile-
TOYHBIX B3aWMOJIEHCTBUH CIEAYIOIIUM 00pa3oM.
Kak u3BeCTHO, KO BpeMEHHM Hadajla MHBAarMHAIUU
B 00J1aCTH BEreTaTUBHOM MJIACTUHKHU (hopMHUpYyeTCs
30Ha BBITSIHYTHIX (IIOJISIPU30BAaHHBIX) KIETOK. Eciu
BHYTPHKJIETOYHBIE CHJIBI PAa3BUBAIOT YCHIIHE, CTpPE-
Mslleecss BEPHYTh KIETKY K HOPMajlbHOU (3KBHU-
OUaMETPpUUYECKOH) QopMme, coXpaHsasi HpPU ITOM
CKpEIUJICHHOCTh B amuKaJdbHOW 00JacTu ¢ Jocra-
TOYHO JKECTKMM THAaJIMHOBBIM CIOEM, TO B CJIO€
BO3HUKAaeT MOMEHT, W3ru0aiouuii BOBHYTpb. Me-
XaHUYECKO€E MOBEACHNE KIETOK Ha I'PaHUIE aKTUB-
HOH 30HBI CTOJb NPOCTON MHTEPIpETALNU HE MOJ-
laeTcs M HYKIAeTCsd B CHEUallbHOM H3y4YCHUH.
Ckopell Bcero, B MUKPOJAMHAMHUKE IJIacTa 3HAYU-
TeIbHA POJb THAJIUHOBOTO CIIOS: CIIeIUIeHHe/pac-
HEeMJIeHNe C HUM TI03BOJISIET KJIETKE 3HAYUTETHHO
MU3MEHATH CBOE€ MEXaHUYECKOE COCTOSAHUE, UTO MpPHU-
BOJMT U K M3MEHEHUI0O MEXaHMYECKOTO COCTOSHUSA
nijacra.

CdhopmynmupoBaHHass HAMH MOJEIb MO3BOJIHIIA
ONHCaTh OCHOBHBIE KHMHEMAaTHYECKHE XapaKTepHu-
CTUKHM IIpollecca MHBAarMHaIlMd Ha OCHOBE JHIIb
00X MEXaHUYEeCKUX CBOWMCTB cucTteMbl. [Ipenio-
JKeHHasl BbIIIE€ MOMBITKA HMHTEpPIpETallud Ha Kie-
TOYHOM YPOBHE MpeABapUTEIbHA M, BO3MOJXKHO,
ciopHa. Bmecte ¢ TeMm Temepr OYEBUIHO, 4YTO

JIOI'BEHKOB u np.

JleTaau3alui0 MEXaHUKHU Mpollecca MOXXHO HCKaTh
TOJIPKO Cpeld MEXaHU3MOB, 00ecIednBaOIINX 3HA-
KOIlEpEMEHHbIM aKTHUBHBI MomeHT. Kpome Ttoro,
WHBAarWHAIIUS TI0 CYIIECTBY CBsI3aHA C HEYNpyroi
COCTaBIIAIONIEN KJIETOYHBIX B3aMMOJIECUCTBHH, T. €.
MPEXJI€ BCETO C B3aUMHBIM TIEPEMEIICHUEM KIETOK
0JIHa OTHOCHUTEIBHO JPYyroi (B 0000IEHHOM CMBIC-
Jie TepeynakoBKOW). B KOHEYHOM cUeTe MOUCKHU
TaKOW JeTanu3anuu TpeOyIoT KakK JOIMOJHUTENIb-
HBIX JKCIEPUMEHTAJBHBIX HCCIEAOBAHUM, Tak u
0oJiee NETaIBLHOTO MOJICTUPOBAHUS, OCHOBAHHOTO
Ha SBHOM y4eTe CBSI3M (OpM KIETOK C MEXaHH-
YECKUMU XapaKTEPUCTUKAMHU.

Pabora BreImosHEHAa mpu (HUHAHCOBOW TOMI-
nepxke Poccuiickoro ¢onma ¢yHIaMEHTAIBHBIX
uccnenoBanuit (mpoekt Ne 16-01-00504).
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Mathematical Modeling
of Invagination of Epithelial Layers in Embryogenesis

S.A. Logvenkov*, I.LN. Moiseeva** and A.A. Stein**
*National Research University, Higher S chool of Economics, ul. M yasnitskaya 20, M oscow, 101000 R ussia

**Institute of M echanics, Lomonosov M oscow State University, M ichurinsky pr. 1, M oscow, 117899 Russia

The invagination of epithelial sheets is an important type of morphogenetic deformation. Primary
invagination during gastrulation in sea urchin is one of the simplest and well-studied examples.
The specific mechanisms of invagination remain unclear in spite of numerous observations. The
problem of plane-stress deformation of the initially circular layer under the action of internal
constant pressure is considered. The active forces developed by the cells are characterized by the
active moment. The rheology of the layer is described by the Maxwell-type viscoelasticity equation
which links the passive bending moment with the curvature of the layer. The presence of a threshold
for the passive moment, below which bending is purely elastic is taken into account. The active
moment is specified as a function of coordinates and time, nonzero in a certain bounded region.
It is assumed to gradually increase, which is followed by a steady state and then gradual decline.
Spatial active moment distributions of both constant and alternating sign are considered. The
numerical simulation showed that among all variants considered the realistic sequence of shapes
can only be obtained if the layer is viscoelastic with a finite threshold for the passive bending
moment and the active moment distribution is of alternating sign. The sign of active moment is
different in the inner and outer areas of the active region: it tends to bend the sheet inward in
the inner area and outward in the outer. The study enables us to make some conclusions about
the nature of macroscopic organization of invagination and to outline the direction of research to
elucidate cellular mechanisms capable of developing the corresponding forces.

Key words: mathematical modeling, morphogenesis, cellular systems, active media, embryonic epithelium
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